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ABSTRACT
Aims Both human and non-human determinants have shaped Mediterranean
forest structure over the last few millennia. The effects of recent human activities
on forest composition, however, remain poorly understood. We quantified
changes in forest composition during the past century in the mixed forests of
Quercus suber (cork oak) and Q. canariensis (Algerian oak), and explored the
effects of forest management and environmental (climate, topography) factors on
forest structure at various spatial and temporal scales.
Location Mountains north of the Strait of Gibraltar (southern Spain).
Methods First, we quantified 20th-century changes in species composition from
a series of inventories in nine mixed forests (c. 40,000 ha), and examined them in
terms of the management practices and environmental conditions. Second, we
analysed present-day Q. suber and Q. canariensis stand structure along
environmental gradients at two spatial scales: (1) that of the forest landscape
(c. 284 ha), combining local inventories and topographic variables and using a
digital elevation model; and (2) regional (c. 87,600 km2), combining data from
the Spanish Forest Inventory for the Andalusia region and estimates of climatic
variables.
Results Historical data indicate anthropogenic changes in stand composition,
revealing a sharp increase in the density of cork oaks over the last century. Forest
management has favoured this species (for cork production) at the expense of
Q. canariensis. The impact of management is imprinted on the present-day forest
structure. The abundance of both species increases with annual mean
precipitation, and they coexist above 800 mm (the minimum threshold for
Q. canariensis). Quercus suber dominates in most of the stands, and species
segregation in the landscape is associated with the drainage network,
Q. canariensis being clearly associated with moister habitats near streams.
Main conclusions Our study quantitatively exemplifies a recent human-
mediated shift in forest composition. As a result of forest management, the
realized niche of the cork oak has been enlarged at the expense of that of
Q. canariensis, providing further evidence for humans as major drivers of oak
forest composition across the Mediterranean. Recent regeneration problems
detected in Q. suber stands, a reduced demand for wood products, conservation
policies, and climate change augur new large-scale shifts in forest composition.
Keywords
Deciduous forest, environmental gradients, forest structure, human impact,
land-use history, Mediterranean forest, Quercus canariensis, Quercus suber,
sclerophyllous species, Strait of Gibraltar.
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INTRODUCTION
Contemporary vegetation patterns result from a combination
of species’ individual responses and their interactions along
environmental and disturbance gradients (Whittaker & Levin,
1977). Furthermore, it is widely recognized that humans have
played an important role in modifying and regulating the types
and rates of ecosystem change at various spatio-temporal scales
(Vitousek et al., 1997; Sanderson et al., 2002; Haberl et al.,
2007). Thus, disentangling environmental from human effects
is critical for understanding current vegetation patterns and
potential shifts under global change (e.g. Noble & Dirzo, 1997;
Levin, 1999).
Humans have modified forest species distributions actively
by deliberately introducing and harvesting selected species and
genotypes, but also indirectly through forestry practices that
have favoured certain species (e.g. Zobel et al., 1987; Crosby,
1986; Le Maitre, 1998; Richardson, 1998; Gil et al., 2004).
These effects have been particularly marked in regions such as
the Mediterranean Basin, with a long history of human
settlement, in which anthropogenic disturbances are consid-
ered as key factors in forest structure and composition
(Thirgood, 1981; Que´zel, 1985; Blondel & Aronson, 1995;
Grove & Rackham, 2001).
Palynological studies show that forest composition in the
Mediterranean region has changed dramatically over the last
few millennia, for instance in the partial replacement of
deciduous taxa by sclerophyllous species (Reille & Pons,
1992; Blondel & Aronson, 1999). For example, in the case of
Quercus species, the evergreen Q. ilex L. and Q. coccifera L.
appear to have replaced Q. pubescens Willd. in large areas of
southern France during the last three millennia (Vernet,
1973; Pons & Que´zel, 1985); Q. ilex and Q. suber L. may
have replaced the deciduous Q. canariensis Willd. and
Q. pyrenaica Willd. in northern Morocco (Reille, 1977);
and Q. ilex and Q. suber have generally become more
abundant at the expense of more mesic tree species in the
Iberian Peninsula (Carrio´n et al., 2000). Post-glacial oak
distribution changes were strongly correlated with large-scale
shifts in the climatic conditions, and subsequently with
interspecific competition and landscape topography (Brewer
et al., 2002; Petit et al., 2002). Later changes during the last
six millennia were more strongly controlled by human
activities, such as the historical use of fire and livestock
(Carrio´n et al., 2003). An increase in the impact of human
activities would be expected to be seen with the approach of
modern times (Hobbs et al., 2006), especially because forest
management activities have intensified (e.g. Riera-Mora &
Esteban-Amat, 1994). The effects of more recent (i.e. 20th
century) human activities on forest composition remain,
however, very poorly understood, and very few studies
provide quantitative evidence of shifts in species composition
resulting from forest management.
In this study, we focused on one of the largest oak forests
within the Mediterranean Basin. It is located in the moun-
tains north of the Strait of Gibraltar (Andalusia, southern
Spain), and has experienced a long history of human impact.
We tracked changes in forest composition over the last
century, and analysed current forest structure along environ-
mental (topographic and climatic) gradients. The forests are
composed of the evergreen Q. suber (cork oak), which covers
a wide range of coastal areas in the western Mediterranean,
and the deciduous Q. canariensis (Algerian oak), which is
limited mainly to the mountains on each side of the Strait of
Gibraltar, and to some patches in Catalonia (north-east
Spain) and the Algarve (south Portugal) (Costa et al., 2005).
Palaeobotanical data on the study area – the Strait of
Gibraltar – reveal human presence since the Palaeolithic, and
a highly diversified landscape (including oak, pine, juniper
and mixed woodlands), which suffered few changes during
climatic fluctuations, and acted as a biodiversity refuge
(Finlayson & Carrio´n, 2007; Carrio´n et al., in press). More
recent palynological records show that deciduous oaks were
dominant in northern Moroccan mountains from the end of
the Boreal stage (about 7500 yr bp) until a recent shift to the
evergreens Q. ilex and Q. suber, associated with human
colonization and partial deforestation for agriculture (Reille,
1977; Lamb et al., 1991). Modern forest management prac-
tices may have continued favouring species such as Q. suber
(for agrosilvopastoral systems and cork harvesting) at the
expense of other trees, particularly after the cork industry
developed in the 19th century.
We followed a hierarchical approach for analysing patterns
and factors operating at various scales (Willis & Whittaker,
2002; Pearson & Dawson, 2003) in order to disentangle the
relative contribution of human and non-human determinants
in shaping current forest structure. At a landscape scale, we
analysed a sequence of forest inventories and historical
records of temperature and precipitation to investigate the
role that human management and recent changes in climatic
conditions may have played in shaping mixed Q. suber–
Q. canariensis forest composition over the past century.
Furthermore, we targeted a mixed forest to examine present-
day patterns of segregation and co-occurrence of the two
species in relation to topography (aspect, drainage) and
distance to roads (access cost). At a regional scale, we
analysed the distribution of the two oak species along
climatic gradients. Species-specific maximum-likelihood
models relating species abundance to environmental variables
(at both landscape and regional scales) were formulated to
explore the main factors controlling stand structure. We
addressed the following questions. (1) What are the main
factors that have shaped current mixed Q. suber and
Q. canariensis forest structure? (2) Has forest management
over the last century driven major changes in stand
composition – in particular, have silvicultural practices
resulted in a shifting dominance of sclerophyllous cork oak
over deciduous Q. canariensis in mixed oak forests? (3) How
does present-day stand structure vary along environmental
and management gradients at landscape and regional scales?
(4) Have historical factors left an imprint on current forest
composition?
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METHODS
Study area
The study area is located in Andalusia (a region of 87,600 km2
in southern Spain), and is bordered by the Atlantic Ocean (to
the south-west) and the Mediterranean Sea (to the south-east)
(Fig. 1a). Quercus suber is widely distributed in this region
(Fig. 1b), where it is found in more than 15% (n = 1983) of
the Spanish Second Forest Inventory (SSFI) plots, with a high
proportion (42%) of monospecific stands. Its distribution area
extends from west to east in the mountains north of the
Guadalquivir fault, and includes the southern mountains near
the Strait of Gibraltar. It is not found in the most arid eastern
areas, and has been almost eliminated by the agricultural
transformation of the Guadalquivir river valley. In contrast,
Q. canariensis has a smaller distribution area (Fig. 1c), and is
found in just 2.3% (n = 300) of SSFI plots in Andalusia,
mainly in the mountains close to the Strait of Gibraltar. Within
the distribution area of Q. canariensis, mixed stands of the two
oaks are frequent: 80% of Q. canariensis SSFI plots contain
Q. suber.
The analysis of historical changes in forest composition and
of species distribution at the landscape scale focused on forests
of the Aljibe Mountains (northern side of the Strait of
Gibraltar), where the two oaks form a mixed woodland of
about 1700 km2, protected within Los Alcornocales (the
Spanish term for ‘cork oak woodland’) Natural Park (see
Figs 1 & 3). This area is part of the Betic-Riffian region, which
has been identified as a hotspot of plant diversity within the
Mediterranean Basin (Me´dail & Que´zel, 1997). The uniqueness
and high biodiversity value of this area, as a refuge for some
taxa of the Tertiary flora, have persisted in terms of both its
ecological function and its genetic resources (see Mejı´as et al.,
2007; Rodrı´guez-Sa´nchez et al., in press). The forests occur on
acidic, nutrient-poor, sandy soils, derived from Oligo-Miocene
sandstone, that harbour a rich endemic flora (Ojeda et al.,
1996). The topography is mountainous, and the maximum
elevation is 1092 m a.s.l. The climate is sub-humid Mediter-
ranean, with the heaviest rainfall in autumn, winter and spring,
but with warm dry summers. Mean annual precipitation
ranges from 800 mm near the coast to 1400 mm inland
(exceeding 2000 mm in some years), and the mean annual
temperature is 15–17C. A combination of ecological factors
and favourable historical events may explain the exceptional
survival of this wooded mountain landscape within the much
deforested Mediterranean region (Maran˜o´n & Ojeda, 1998).
Historical changes in oak forest composition
We compiled historical data from periodically inventoried
public forest estates located in the area of Los Alcornocales
Natural Park in order to analyse changes in Q. suber and
Q. canariensis stand composition during the last 100 years. In
particular, we analysed a sequence of historical management
plans drawn up over the past century, which contained
quantitative forest inventories and described management
practices (see Appendix S1 in Supplementary Material for
detailed information on the forest management plans con-
sulted). We focused on nine public forest estates covering a
total area of approximately 40,000 ha (see Fig. 3 for forest
location). The first management plans date from the end of
the 19th century, when cork harvesting and manufacture
started to intensify in the study area. Subsequently, forest
inventories were updated and management plans revised every
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Figure 1 (a) Study area in southern Spain. Distribution of
(b) Quercus suber (n = 1983) and (c) Q. canariensis (n = 300),
based on presence data of the Spanish Second Forest Inventory
(SSFI, total of 12,572 plots in Andalusia). The grey area in the
distribution map (c) corresponds to the Los Alcornocales Natural
Park limits (c. 1700 km2).
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10–15 years. Inventories consisted of the individual counting
of all trees with a diameter ‡ 10 cm in each of the blocks of
about 20–30 ha delimited as management areas. Historical
inventories did not include measurement of the diameter of
individual trees, but rather an estimate of the number of
individuals per diametric class (only for Q. suber and Q.
canariensis). Thus, we annotated the total number of Q. suber
and Q. canariensis individuals in each forest, and the rest of the
tree species were grouped in a separate category as ‘other
species’.
Statistical analyses
We analysed changes in Q. suber and Q. canariensis density
(individuals per total forest area in hectares) over the 20th
century in each of the nine forests targeted. The percentage of
individuals per species was calculated for various periods, and
changes in forest composition were examined, with emphasis
on documented disturbances and forest management practices.
In addition, we explored and discussed the possible relationship
between the general trend of forest composition change and the
temporal trend in temperature and precipitation in the study
area from the beginning of the last century to the present day,
detecting possible anomalies or fluctuations that could have
affected the studied species. We analysed time series of
temperature and precipitation with ten-year moving averages
(Sˇteˇpa´nek, 2006), and calculated regression coefficients with
time as the independent variable. For this purpose, we selected
historical records available from two meteorological stations:
Grazalema (900 m a.s.l., series 1912–2000, provided by the
Spanish Institute of Meteorology); and Gibraltar (5 m a.s.l,
series 1840–2004, provided by GHCN, National Climatic Data
Center, USA), located north-east and south of the study area,
respectively.
Present-day stand structure and environmental
gradients
Landscape scale
At the landscape scale, we selected Los Arenales public forest
estate, a 284-ha forest area where the two Quercus species
co-occur, to analyse current forest structure along topographic
gradients (see the forest marked with the letter ‘e’ in Fig. 3 for
the location). A detailed forest inventory (Egmasa, 2003) was
available, consisting of a grid of 129 circular (20-m radius)
plots, one every 150 m, defined by their spatial location (UTM
coordinates). Sampling consisted of counting all trees and
measuring (with a calliper) the trunk diameter at breast height
(d.b.h.; with breast height established as 1.3 m) of trees with a
d.b.h. > 7.4 cm. We computed species basal area per plot,
expressed in m2 ha)1, as a measurement of species abundance.
In addition, each inventory plot was characterized with
independent topographic data, using a Geographical Informa-
tion System (GIS) (ArcView 3.2, ESRI Inc., Redlands, USA,
2000). We derived altitude (m), slope (%), and aspect () from
a 20-m spatial resolution digital elevation model (DEM),
obtained from colour aerial photographs (scale 1 : 60,000,
provided by REDIAM, the Environmental Information Net-
work of the Andalusian Government). The water flow accu-
mulation map of the area around the forest was created with
HydroTools 1.0. for ArcView 3.2. (Schau¨ble, 2003), using a
single-flow algorithm that computes the amount of water
moving from water divides to valley floors. Pixels with the
highest accumulation values were reclassified as part of the
drainage network of the catchment area. We then calculated
the distance of each inventory plot from the nearest stream bed.
Finally, we constructed a map of access cost, that is, the cost or
effort of reaching each plot from the main forest tracks/roads,
which could be interpreted as an index of the socio-economic
value of forest stands and human pressure (for example, as an
approximate measurement of the cost of extracting cork in
terms of accessibility). We digitized the tracks from maps and
orthophotographs, and then used the cost-distance function of
ArcView 3.2, including the distance from forest tracks to plots,
and the slope map as a friction surface in the algorithm.
Regional scale
At the regional scale, data from the SSFI (Spanish Second
Forest Inventory) were analysed in order to study current
species distribution and forest composition in Andalusia along
climatic gradients (see selected variables below). The SSFI
inventory sampled wooded areas of the region in the period
1994–96, based on a regular grid of survey plots with a density
of approximately one circular plot per square kilometre
(MMA, 1996). Plots were circular, of various concentric radii
(the minimum tree diameter measured varied with the radius
of the plot), and were defined by their spatial location (UTM
coordinates). The d.b.h. of all trees with a d.b.h. > 7.4 cm was
measured with a calliper. The inclusion of a tree in the sample
was a function of its d.b.h. and its distance from the centre of
the plot.
Prior to the analyses, we checked the geographic position of
all inventoried plots, superimposing them onto wooded areas
of recent digital orthophotographs (JA, 2003). Plots with
georeferencing errors were rejected from the analyses. Subse-
quently, we extracted a total of 12,572 records containing the
presence/absence of each species. In plots where Q. suber and/
or Q. canariensis were present, we calculated their basal area,
expressed in m2 ha)1. In addition, each inventory plot was
characterized with independent environmental data, using a
GIS. Climatic data with 1-km spatial resolution were provided
by the Spanish Institute of Meteorology as an interpolation (by
kriging) of the information recorded from 1971 to 2000 in
meteorological stations spread all over the Spanish territory
(143 main stations, 1504 thermometric stations, and 4835
pluviometric stations) (INM, unpublished). We selected the
following climatic variables: monthly and annual mean
precipitation (P) (mm), annual mean radiation (RAD)
(kW h m)2), and monthly and annual mean temperature (T)
(C). We also derived the average temperature of the warmest
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month (TWM) (C), the average temperature of the coldest
month (TCM) (C), and thermal oscillation (TOSIC) (C).
Monthly and annual potential evapotranspiration (PET) (mm)
were obtained as a function of mean temperature (Thorn-
thwaite, 1948). Regarding computing monthly differences
between P and PET, we calculated annual water surplus
(WS) (mm) as the sum of positive differences between P and
PET, annual water deficit (WD) (mm) as the sum of negative
differences between P and PET, and drought length (DL) as the
number of months in which PET exceeded P. Finally, altitude
(m) was derived from a DEM of 20-m spatial resolution.
Statistical analyses
We analysed whether present-day oak species abundance, i.e.
basal area, was correlated with environmental gradients at
landscape and regional scales. Because of the triangular and
factor-ceiling distributions (sensu Thomson et al., 1996) found
in the bivariate vegetation–environment relationships, we
calibrated data-specific maximum-likelihood estimators,
which are suitable for detecting biological signals within
heteroscedastic patterns (e.g. Floret et al., 1990; Zavala, 2000).
We selected those inventory plots for which either one of the
species or the sum of the two contributed at least 95% of the
total basal area of the stand. Based on exploratory analyses of
potential distributions that best fitted our data, a gamma error
distribution of species basal area was assumed, defined by a
shape parameter n, which varies from exponential-like to bell-
shaped but left-skewed forms. We specified the mean of the
gamma distribution as a function of climatic or topographic
variables, testing various functional forms that covered a wide
range of possible responses: linear, exponential, power, and
Michaelis-Menten-type.
All statistical models were parameterized with maximum
likelihood (Edwards, 1992), using a simulating annealing
algorithm (Metropolis et al., 1953). Parameter 95% support
limits were estimated by likelihood profile (Hilborn & Mangel,
1997). In order to determine which variables were most
strongly associated with species abundance, fitted models were
compared with a null model of no factor effect through a
likelihood ratio test (LRT) (0.05 level), in which the degrees of
freedom were equal to the difference in the number of
parameters between models (Edwards, 1992). In addition,
models were compared using Akaike’s information criterion,
specifically DAIC, which is defined for each Modeli as AICi –
AIC minimum (Akaike, 1992). Models with a DAIC of 0–2
were considered to have equivalent and substantial empirical
support, a DAIC of 4–7 indicated less support, and models
with a DAIC > 10 had very low empirical support (Burnham &
Anderson, 2002). All models and numerical algorithms were
implemented in C (Borland C++ v.5.01, Borland International
Inc., Austin, TX, USA, 1996). Finally, we calculated Moran’s I
autocorrelation coefficient across distance classes for the raw
species abundance data, and generated correlograms of model
residuals using GS+ 5.1.1 (Gamma Design Software, Plainwell,
MI, USA, 2001).
RESULTS
Changes in mixed oak forest composition over the last
century
A sharp increase in the number of cork oaks was observed in all
studied forests (Fig. 2a–i), just after the first management plans
started at the beginning of the 20th century (with the exception
of one forest, Fig. 2a). This trend slowed during the years
following the Spanish civil war (1936–39). Around the decade of
the 1960s, there was another general increase in Q. suber density.
In comparison, the density of Q. canariensis was higher than or
very similar to that of Q. suber in some forests just before
management plans started (Fig. 2a,b,d, and, to a lesser extent,
Fig. 2c). It remained constant, or even increased slightly in
some areas, during the first decades, but after 1940–50 generally
decreased, as a result of selective logging of Q. canariensis, as
documented. Species other than Q. suber and Q. canariensis
(such as Fraxinus angustifolia Vahl., Arbutus unedo L., Olea
europaea L. var. sylvestris Brot., Pyrus bourgeana Decne, and
Alnus glutinosa (L.) Gaertn.) represented a small proportion of
forest composition. The density of ‘other species’ increased in
some forests, primarily as a result of the pine (Pinus pinea L.,
P. halepensis Mill., and P. pinaster Ait.) afforestation carried out
from the middle of the century onwards (Fig. 2).
Overall, there was a shift to dominance by the sclerophyllous
Q. suber in the study area in a few decades. Its relative density
increased in all studied forests, as seen when forest composi-
tion at the beginning of the 20th century is compared with that
at the end of the century (Fig. 3). This trend was especially
noticeable in the forest estates located in areas with higher
annual mean precipitation (north of Los Alcornocales Park),
where the proportion of deciduous species was greater than
that of cork oak at the beginning of the century. Species other
than Quercus showed an increased proportion in 1970–1980 as
a result of pine afforestation.
Historical records of meteorological stations showed a
gradient of decreasing rainfall from north (inland mountains)
to south (coast) in the study area, with fluctuations between
years. The linear regression model between mean rainfall and
time had a significant negative slope, revealing a trend of a
decrease in annual mean precipitation (with a trend/10 years
of )97.07 mm in the north and )12.62 mm in the south).
However, both climatic records showed runs of years well
above or below the long-term mean, with alternate dry and wet
periods. Temperature records showed fluctuations but without
abrupt changes; however, as a general trend, mean temperature
has progressively increased (trend/10 years of 0.05C) in the
study area since the beginning of the 20th century.
Landscape scale: patterns along topographic
gradients
The local forest inventory revealed that the Los Arenales forest
estate is today composed mainly of Q. suber (found in 80% of
the plots) and Q. canariensis (found in 52% of the plots).
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Quercus suber occupies a high percentage of the stand basal
area, and is found mixed with Q. canariensis in 59 out of 129
inventory plots. This pattern is in accord with the trend
observed in the historical time series analysed for this forest, in
which Q. suber dramatically increased (see (e) in Figs 2 & 3).
Other tree species, such as Arbutus unedo, Olea europaea var.
sylvestris, Pyrus bourgeana, and Alnus glutinosa are present but
less abundant. Eucalyptus and pines have been planted at sites
where oak forests were absent.
The parameter estimates that gave the best fits relating species
basal area with topographic factors are summarized in Table 1.
The mean basal area of Q. suber increased exponentially with
distance from a watercourse; the opposite relationship was
found for Q. canariensis, which was more abundant near stream
beds (Fig. 4a, Table 1). The altitude and access-cost gradient
gave fits of similar empirical support for Q. suber, but had
negligible influence on Q. canariensis (Table 1). The mean basal
area of Q. suber increased with altitude, and its abundance was
greatest in areas with low accessibility. The model including
drainage reduced spatial autocorrelation at short distances
(150 m) for Q. canariensis, but did not account for the spatial
pattern in Q. suber abundance. Finally, models including
altitude and cost reduced the level of spatial autocorrelation
at the first distance class for Q. suber (Appendix S2a,b).
Regional scale: patterns along climatic gradients
Parameter estimates of models with the strongest empirical
support relating present-day species’ mean basal area
(m2 ha)1) with climatic factors at a regional scale are
summarized in Table 2. The average temperature for the
warmest month (TWM) was the best predictor of Q. suber
abundance. As temperature increased, mean abundance
decreased, following an approximately linear response. Other
factors associated with water (annual precipitation, water
surplus, water deficit) and energy (temperature oscillation)
gave a significant fit (LRT, P < 0.001), but represented
models with low empirical support based on DAICs. Mean
Q. suber abundance increased approximately linearly with
annual mean precipitation (P) and water surplus (WS),
whereas there was a negative effect of annual water deficit
(WD) and temperature oscillation (TOSCI) (with negligible
empirical support). For Q. canariensis, annual mean precip-
itation best explained its abundance, following a positive and
approximately linear relationship (Table 2). With similar
empirical support, basal area of the deciduous species
increased with water surplus and mean radiation, whereas it
decreased with water deficit.
To study interspecific differences, the abundance of each
species was analysed along the annual mean precipitation
gradient; that is, the best predictor for Q. canariensis and the
second best for Q. suber. Models had similar positive slopes,
but species differed in the intercept parameter (p1) (Table 2).
Quercus suber was present from 500 mm precipitation
onwards, whereas the lower limit for Q. canariensis was
800 mm (Fig. 4b). The two species co-occurred at the wetter
end of the gradient (800 mm onwards), where stand structure
showed a greater variance. Examination of residuals indicated
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Figure 2 Changes in the number of individuals per hectare for Quercus suber, Q. canariensis, and ‘other species’ over the last century in
each of the surveyed public forest estates (a–i). Other species inventoried included Fraxinus angustifolia Vahl., Arbutus unedo L., Olea
europaea L. var. sylvestris Brot., Pyrus bourgeana Decne, Alnus glutinosa (L.) Gaertn, Quercus ilex L. [only in (a) and (d)], Eucalyptus
camaldulensis Dehnh., and pines (Pinus pinea L., P. halepensis Mill., or P. pinaster Ait.), which were introduced from 1960 onwards. Note
that species density (no. individuals) has been related to the total surface (ha) of each forest estate (including non-forested areas) to
enable comparison among different inventories over time. See Fig. 3 for the geographic location of the forests (indicated with the same
letters), and Appendix S1 for data sources.
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that models accounted for most of the spatial pattern in species
abundance, except for Q. suber at short distances (Appen-
dix S2c,d).
DISCUSSION
Studying mixed oak forests by means of multi-scale focus
(both temporal and spatial) enabled us to identify key
environmental factors influencing forest composition, as well
as historical processes underlying present-day patterns. Results
quantitatively highlight surprisingly rapid changes in forest
composition over the past century in a Mediterranean
landscape, reinforcing the evidence for human activities as
the main drivers of recent forest dynamics.
Drivers of change in mixed oak forest composition
in the last century
The analyses of historical forest inventory data revealed an
increasing dominance of Q. suber during the 20th century in
southern Spain in all studied mixed forests, whereas
Q. canariensis remained constant or even decreased in some
periods. Quercus suber expanded, and the number of
individuals increased sharply, in a few decades in the most
productive areas (with higher annual precipitation, see
Fig. 3), where Q. canariensis would find the most favourable
conditions.
The first forest management plans, from the end of the
19th century, considered Q. canariensis a principal forest
species together with Q. suber, particularly in those sites
where the two species co-dominated (Gonza´lez et al., 1996).
Quercus canariensis wood was pollarded for charcoal pro-
duction, and was used in railway construction (Jurado, 2002).
However, as a result of the increasing demand for cork as
bottle stoppers, forest management restored plant cover by
favouring the economically most valuable species, Q. suber,
through seedling plantations and acorn sowing, and by taking
advantage of its extraordinary resprouting capacity from stem
and basal buds. The traditional use of cork oak bark in
leather tanning was progressively abandoned, and forests were
divided into regular stands with trees of the same age in
1890–1910
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Q. canariensis
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5 10 km
N
Figure 3 Changes in mixed Quercus suber–Q. canariensis forest
composition over the 20th century in the area of Los
Alcornocales Natural Park (limits in black line). Species relative
abundance in each of the inventoried public forest estates (grey
areas) at the beginning of the century (1890–1910) are
compared with species relative abundance in the last shared
historical inventories (1970–80). Charts are drawn on top of
the corresponding forest and are proportional to the forest
surface. Arrows indicate separated management areas of the
same forest estate. An increase in cork oak proportion is
observed at the expense of Q. canariensis, especially in northern
areas with higher precipitation regimes.
Table 1 Maximum likelihood parameter estimates for best-fit models relating Quercus suber (n = 94) and Q. canariensis (n = 53) basal area
(m2 ha)1) to topographic factors.
Factor Best fit n p1 p2 LogLike. LRT (X
2) P-value AIC DAIC
Q. suber
Distance from stream beds EXP 1.4 7.1 0.0049 ) 305.1 14.6 *** 616.2 0.0
Access cost EXP 1.5 6.9 0.0001 ) 305.2 14.4 *** 616.4 0.2
Altitude LIN 1.5 ) 2.4 0.0528 ) 305.3 14.3 *** 616.5 0.3
Q. canariensis
Distance from stream beds EXP 1.0 10.6 ) 0.0106 ) 148.8 12.1 *** 303.6 0.0
Access cost EXP 0.9 8.9 ) 0.0001 ) 152.5 4.7 * 311.0 7.4
Best fits were found for the exponential (EXP) response, where species’ mean basal area = p1exp (p2Factor); p1 and p2 are maximum likelihood
parameter estimates, n is the shape parameter estimated for the gamma distribution of basal areas, where n c.1.5 indicates bell-shaped but left-skewed
probability distribution, and n < 1 indicates an exponential-like monotonically decreasing distribution.
LogLike. corresponds to the maximum log-likelihood: log(L|data, model). AIC (Akaike’s information criterion) is calculated as AIC = ) 2log(L|data,
model) + 2K, where K is the number of parameters in the model. Factor effects are evaluated through the log-likelihood ratio test (LRT, d.f. = 1,
*P < 0.05, **P < 0.01, ***P < 0.001), and model fits through DAIC (AICi–AICmin).
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order to facilitate bark stripping approximately every decade.
By contrast, Q. canariensis trees suffered selective clear-
cuttings, as documented in some of the inventories, especially
when alternative sources of energy (for example butane gas)
replaced charcoal in the 1950–60s. However, Q. canariensis
stands were not completely substituted by cork oaks, given
the complementary resources they provided, such as earlier
seed production, which lengthened the period of acorn
availability and improved animal feeding in mixed stands,
and its nutrient-richer litter, which was believed to increase
soil fertility and moisture.
On one hand, the reported forest composition changes
could be partly attributable to the observed significant trends
in climate over the last century. A general decline in rainfall
and a warming of up to 1C, most marked in winter, have been
observed over the 20th century in the study area (Wheeler &
Martı´n-Vide, 1992), but the magnitude of wet/dry year
fluctuations seems similar in the past and present (Rodrigo
et al., 2000). Inter-annual variations in climatic conditions
probably have had an influence on short-term processes such
as fecundity, seedling survival, and tree growth (e.g. Costa
et al., 2002), but were not intense enough (for example as
episodic droughts) to result in a significant adult tree
mortality. Therefore, it is questionable whether the observed
sharp changes in forest composition can be attributed to
fluctuations in precipitation and temperature, given the long-
term response of forests to those factors.
On the other hand, the impact of human activities may have
modified the distribution of species outside the potential limit
established by the environment (Thomson et al., 1996). This
could be more likely for tree species such as oaks, which
historically have been managed by human populations (Foster
et al., 2002; Johnson et al., 2002). Quercus suber has been
artificially favoured and conserved in many parts of its natural
range (Montoya, 1988; Vieira Natividade, 1991). Conse-
quently, we support the inference that the forest composition
changes reported in the present study, which are reflected in
present-day forest structure, are probably human-induced,
owing to their rate and magnitude.
Likewise, in the holm oak (Q. ilex) stands of central and
north-east Spain, land-use history and management have been
found to be the most important factors determining current
forest composition and structure (Gracia & Retana, 1996;
Joffre et al., 1999; Pulido et al., 2001; Plieninger et al., 2003).
Other examples of the positive impact of human activities on
certain tree species are, for example, olive tree (Olea europaea
L.) domestication in the Mediterranean Basin (e.g. Terral
et al., 2004), anthropogenic savannas with Acacia caven Mol.
(espinales) in central Chile (e.g. Ovalle et al., 1996), increased
dominance of Acer rubrum L. (red maple), Betula spp. (birch),
and oak species following disturbances caused by post-
settlement human activities in eastern North America (e.g.
Abrams, 1998; Bu¨rgi et al., 2000), and Pinus and Eucalyptus
species being widely planted outside their natural ranges in
many zones for commercial forestry (e.g. Zobel et al., 1987;
Richardson et al., 1994).
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Figure 4 (a) Differential response of species mean basal area,
with 95% confidence intervals (CIs), as a function of the distance
from the drainage network. (b) Species mean basal area (with 95%
CIs) along the gradient of annual mean precipitation, based on
best model fits of Spanish Second Forest Inventory data. (c) Rep-
resentation of potential (without human intervention) distribu-
tion of Quercus species, along a gradient of water availability.
Arrows indicate the direction of human influence on each species.
We suggest that in rainy areas humans have favoured Q. suber and
reduced the distribution area of Q. canariensis. Panel (c) has been
drawn to be compared with the current patterns observed in (b).
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Influence of environmental factors on present-day
mixed oak forest structure
Today, and partly as a consequence of reported historical
changes in forest composition, the evergreen Q. suber is more
abundant in a wider range of environmental conditions than is
the deciduous Q. canariensis, which is restricted to areas with a
high precipitation regime, lower water deficit, mild tempera-
tures, and frequent mist in the mountains near the Strait of
Gibraltar. The mean abundance of Q. suber and Q. canariensis
increases with annual precipitation, and the two co-occur
above 800 mm. However, accurate prediction of species basal
area for a given point of the precipitation gradient is difficult,
owing to the effect of site factors, such as topographic variation
and stand management history, which have influenced forest
structure locally.
By reducing the scale of analysis to that of the landscape (Los
Arenales forest, 1100 mm mean rainfall), where regional
models would predict the co-occurrence of Q. suber and
Q. canariensis, we observed that oak species were not randomly
distributed in the landscape, but instead segregated along a
gradient of water availability (i.e. distance from stream beds).
The deciduous species, Q. canariensis, was found to be clearly
associated with areas near streams, where microclimatic
conditions (warm and moist) are in marked contrast to those
of drier adjacent habitats, where Q. suber is more abundant,
suggesting that Q. canariensis performs better than Q. suber
under moister conditions. In Mediterranean ecosystems, fac-
tors associated with water availability are commonly found to
have a great influence on forest composition (Pigott & Pigott,
1993; Zavala et al., 2000). The differential distribution patterns
of oak species found along the water availability gradient might
be partly determined by the contrasting physiological and
morphological features of the different species (Maran˜o´n et al.,
2004; Quero et al., 2006). Under controlled greenhouse con-
ditions, water treatments modified physiological traits of
deciduous species (Q. canariensis and Q. pyrenaica), increasing
their stomatal conductance, photosynthesis, and respiration
rate, but had little effect on Q. suber seedlings (Quero et al.,
2006). Furthermore, in a field experiment, water addition
during the dry period (simulating sporadic rains) reduced the
mortality of Q. canariensis seedlings, whereas Q. suber was not
affected (Pe´rez-Ramos, 2007).
On the basis of our results, we suggest that in the absence of
human intervention cork oak and Q. canariensis would have
been more clearly segregated, with deciduous oaks dominating
in the more humid areas (see Fig. 4c). Cork oak is currently a
valuable species from the point of view of forest ecosystem
conservation, and still has strong socio-economic implications
for the cork industry. As revealed by the accessibility-cost
analysis, Q. suber dominates in less accessible stands, despite
the greater cost of reaching them, indicating that cork
extraction and transport by mules has been a common
practice in the whole forest area. Although the cork industry
has suffered fluctuations over the century, with severe com-
petition in recent years from synthetics (see Parsons, 1962;
Parejo, 2004), the cork currently harvested in the area of Los
Alcornocales Park represents approximately 30% of the
Spanish and 8% of the world production (Consejerı´a de
Medio Ambiente, 2004).
Future trends in forest composition and dynamics remain
somewhat uncertain. A general decline and impaired regener-
ation has been detected in cork oak stands on both sides of the
Strait of Gibraltar (Ajbilou et al., 2006), coupled with a
reduction in cork production (Linares & Farin˜a, 2002).
Current management plans aim to reduce oak seedling
mortality by large-scale fencing and exclusion of herbivores,
and to encourage the reforestation of Q. suber and other
species. The Algerian oak (Q. canariensis), despite the historical
reduction of its distribution area to favour cork oak, is
expected to show an upward trend locally. Quercus canariensis
stands are currently protected as forest habitat (considered
Table 2 Maximum likelihood parameter estimates for best-fit models relating Quercus suber (n = 1983) and Q. canariensis (n = 300) basal
area (m2 ha)1) to climatic factors at the regional scale.
Factor n p1 p2 LogLike LRT (X
2) P-value AIC DAIC
Q. suber
Temp. warmest month (TWM) 1.6 80.6 )2.8680 )2280.1 116.3 *** 4566.1 0.0
Annual precipitation (P) 1.6 )4.5 0.0155 )2286.6 103.2 *** 4579.2 13.1
Annual water surplus (WS) 1.6 0.5 0.0168 )2287.0 102.5 *** 4580.0 13.9
Annual water deficit (WD) 1.5 33.6 )0.0519 )2296.7 83.0 *** 4599.4 33.3
Temp. oscillation (TOSCI) 1.5 28.0 )1.2230 )2304.2 68.1 *** 4614.4 48.3
Q. canariensis
Annual precipitation (P) 1.3 )12.5 0.0182 )355.0 8.1 ** 716.1 0.0
Annual water surplus (WS) 1.2 )5.8 0.0182 )355.6 7.0 ** 717.2 1.1
Annual radiation (RAD) 1.2 )95.8 23.8900 )355.9 6.3 * 717.9 1.8
Annual water deficit (WD) 1.2 31.6 )0.0570 )356.1 6.0 * 718.2 2.1
Best fits were found for the linear response, where species’ mean basal area = p1 + p2 Factor; p1 and p2 are maximum likelihood parameter estimates,
n is the shape parameter estimated for the gamma distribution of basal areas, where n c. 1.5 indicates bell-shaped but left-skewed probability
distribution. Models are evaluated as in Table 1, through log-likelihood ratio tests (LRT, d.f. = 1, *P < 0.05, **P < 0.01, ***P < 0.001), and DAIC.
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trees ‘of special interest’ by regional laws), because of their rich
understorey with high taxonomic uniqueness (Ojeda et al.,
1996). It would thus be reasonable to predict a trend of
continuous replacement of old, injured (by periodic bark
removal) cork oaks by young, vigorous deciduous oaks in
those wetter and more-fertile areas where management has
modified forest composition. On a longer timescale, both oak
species will be severely affected by the climate change
prediction of warmer and drier conditions for this Mediter-
ranean region (Schro¨ter et al., 2005).
CONCLUSIONS
Our study quantitatively demonstrates a human-mediated
shift in forest composition. As a result of forest management,
the realized niche of the cork oak has been enlarged at the
expense of that of Q. canariensis, providing further evidence
of humans as the main drivers of oak forest composition and
structure across the Mediterranean region. The present study
supports palynological data that suggest that, in the absence
of human influence, Q. suber would develop in mixed forests,
sharing the arboreal stratum with other sclerophyllous species
and with deciduous ones (Reille, 1977; Carrio´n et al., 2000).
Recent regeneration problems detected in Q. suber stands, a
reduced demand for wood products, conservation policies,
and climate change augur new large-scale shifts in forest
composition.
ACKNOWLEDGEMENTS
We are grateful to the Andalusian Government (Consejerı´a de
Medio Ambiente), and to Felipe Oliveros and the staff of Los
Alcornocales Park for the facilities to compile forest inventory
information and for visit permits. We thank Javier Quijada
and Jose´ Manuel Moreira of REDIAM, and Jose´ A. Villanueva
of the Ministry of Environment, for providing, respectively,
environmental and SSFI data, as well as Francisco Rodrı´guez,
Sara Rodrı´guez, and Carlota Martı´nez for assistance at various
stages. Daniel Montoya, Drew Purves, James Aronson, and
anonymous referees provided extremely helpful comments on
previous versions. Historical forest management plans
were consulted in the archive of the Direccio´n General para
la Biodiversidad (Madrid). This study was supported by grant
FPI-MEC to I.R.U. and project grants REN2002-04041-C02
and CGL2005-05830-C03. This research is part of REDBOME
(http://www.ugr.es/~redbome/) and GLOBIMED (http://
www.globimed.net) networks on forest ecology.
REFERENCES
Abrams, M.D. (1998) The red maple paradox. BioScience, 48,
355–364.
Ajbilou, R., Maran˜o´n, T. & Arroyo, J. (2006) Ecological and
biogeographical analyses of Mediterranean forests of
northern Morocco. Acta Oecologica, 29, 104–113.
Akaike, H. (1992) Information theory and an extension of the
maximum likelihood principle. Breakthroughs in statistics
(ed. by S. Kotz and N. Johnson), pp. 610–624. Springer-
Verlag, New York.
Blondel, J. & Aronson, J. (1995) Biodiversity and ecosys-
tem function in the Mediterranean basin: human and non-
human determinants. Mediterranean-type ecosystems: the
function of biodiversity (ed. by G.W. Davis and D.M. Rich-
ardson), pp. 43–119. Springer Verlag, Berlin.
Blondel, J. & Aronson, J. (1999) Biology and wildlife of the
Mediterranean region. Oxford University Press, New York.
Brewer, S., Cheddadi, R., de Beaulieu, J.L. & Reille, M. (2002)
The spread of deciduous Quercus throughout Europe since
the last glacial period. Forest Ecology and Management, 156,
27–48.
Bu¨rgi, M., Russell, E.W.B. & Motzkin, G. (2000) Effects of
postsettlement human activities on forest composition in
the north-eastern United States: a comparative approach.
Journal of Biogeography, 27, 1123–1138.
Burnham, K.P. & Anderson, D.R. (2002) Model selection and
multimodel inference: a practical information-theoretic
approach, 2nd edn. Springer Verlag, New York.
Carrio´n, J.S., Parra, I., Navarro, C. & Munueras, M. (2000)
Past distribution and ecology of the cork oak (Quercus
suber) in the Iberian Peninsula: a pollen-analytical approach.
Diversity and Distributions, 6, 29–44.
Carrio´n, J.S., Sa´nchez-Go´mez, P., Mota, J.F., Yll, R. & Chaı´n,
C. (2003) Holocene vegetation dynamics, fire and grazing in
the Sierra de Ga´dor, southern Spain. The Holocene, 13, 839–
849.
Carrio´n, J.S., Finlayson, C., Fuentes, N., Finlayson, G., Fern-
a´ndez-Jime´nez, S., Allue´, E., Lo´pez-Sa´ez, J.A., Lo´pez-Garcı´a,
P. & Gonza´lez-Sampe´riz, P. (in press) A coastal reservoir of
biodiversity for Upper Pleistocene human populations.
Quaternary Science Reviews.
Consejerı´a de Medio Ambiente (2004) Plan de Ordenacio´n de
los Recursos Naturales (PORN) y Plan Rector de Uso y
Gestio´n (PRUG) del Parque Natural Los Alcornocales.
Consejerı´a de Medio Ambiente, Junta de Andalucı´a, Sevilla,
Spain.
Costa, A., Pereira, H. & Oliveira, A. (2002) Influence of climate
on the seasonality of radial growth of cork oak during a cork
production cycle. Annals of Forest Science, 59, 429–437.
Costa, M., Morla, C. & Sainz, H. (eds) (2005) Los bosques
ibe´ricos. Una interpretacio´n geobota´nica, 4th edn. Planeta,
Barcelona.
Crosby, A.W. (1986) Ecological imperialism: the biological
expansion of Europe, 900–1900. Cambridge University Press,
New York.
Edwards, A.W.F. (1992) Likelihood. Johns Hopkins University
Press, Baltimore.
Egmasa (2003) Octava Revisio´n del Proyecto de Ordenacio´n del
Monte Los Arenales, CA50040-CCAY, y Noveno Plan Especial.
Consejerı´a de Medio Ambiente, Junta de Andalucı´a, Sevilla,
Spain.
Determinants of mixed oak forest structure
Journal of Biogeography 35, 1688–1700 1697
ª 2008 The Authors. Journal compilation ª 2008 Blackwell Publishing Ltd
Finlayson, C. & Carrio´n, J.S. (2007) Rapid ecological turnover
and its impact on Neanderthal and other human popula-
tions. Trends in Ecology and Evolution, 22, 213–222.
Floret, C., Galan, M.J., LeFloc’h, E., Orshan, G. & Romane, F.
(1990) Growth forms and phenomorphology traits along an
environmental gradient: tools for studying vegetation?
Journal of Vegetation Science, 1, 71–80.
Foster, D.R., Clayden, S., Orwig, D.A., Hall, B. & Barry, S.
(2002) Oak, chestnut and fire: climatic and cultural controls
of long-term forest dynamics in New England, USA. Journal
of Biogeography, 29, 1359–1379.
Gil, L., Fuentes-Utrilla, P., Soto, A., Cervera, M.T. & Collada,
C. (2004) Phylogeography: English elm is a 2,000-year-old
roman clone. Nature, 431, 1053.
Gonza´lez, A., Torres, E., Montero, G. & Va´zquez, J. (1996)
Resultados de cien an˜os de aplicacio´n de la selvicultura y la
ordenacio´n de montes alcornocales de Cortes de la Frontera
(Ma´laga), 1890–1990. Revista Montes, 43, 12–22.
Gracia, M. & Retana, J. (1996) Effect of site quality and
thinning management on the structure of holm oak forests
in northeast Spain. Annals of Forest Science, 53, 571–584.
Grove, A.T. & Rackham, O. (2001) The nature of Mediterra-
nean Europe: an ecological history. Yale University Press, New
Haven.
Haberl, H., Erb, K.H., Krausmann, F., Gaube, V., Bondeau, A.,
Plutzar, C., Gingrich, S., Lucht, W. & Fischer-Kowalski, M.
(2007) Quantifying and mapping the human appropriation
of net primary production in earth’s terrestrial ecosystems.
Proceedings of the National Academy of Sciences USA, 104,
12942–12947.
Hilborn, R. & Mangel, M. (1997) The ecological detective:
confronting models with data. Princeton University Press,
Princeton.
Hobbs, R.J., Arico, S., Aronson, J., Baron, J.S., Bridgewater, P.,
Cramer, V.A., Epstein, P.R., Ewel, J.J., Klink, C.A., Lugo,
A.E., Norton, D., Ojima, D., Richardson, D.M., Sanderson,
E.W., Valladares, F., Vila, M., Zamora, R. & Zobel, M.
(2006) Novel ecosystems: theoretical and management as-
pects of the new ecological world order. Global Ecology and
Biogeography, 15, 1–7.
JA (2003) Ortofotografı´a digital de Andalucı´a (color). Conse-
jerı´as de obras pu´blicas y transporte, agricultura y pesca, y
medio ambiente. Junta de Andalucı´a, Sevilla, Spain.
Joffre, R., Rambal, S. & Ratte, J.P. (1999) The dehesa system of
southern Spain and Portugal as a natural ecosystem mimic.
Agroforestry Systems, 45, 57–79.
Johnson, P.S., Shifley, S.R. & Rogers, R. (2002) The ecology and
silviculture of oaks. CABI Publishing, New York.
Jurado, V. (2002) Los bosques de las Sierras del Aljibe y del
Campo de Gibraltar. Ecologı´a, transformaciones histo´ricas y
gestio´n forestal. Consejerı´a de Medio Ambiente, Junta de
Andalucı´a, Sevilla, Spain.
Lamb, H.F., Damblon, F. & Maxted, R.W. (1991) Human
impact on the vegetation of the Middle Atlas, Morocco,
during the last 5000 years. Journal of Biogeography, 18, 519–
532.
Le Maitre, D.C. (1998) Pines in cultivation: a global
view. Ecology and biogeography of Pinus (ed. by D.M.
Richardson), pp. 407–431. Cambridge University Press,
Cambridge.
Levin, S. (1999) Fragile dominion: complexity and the commons.
Perseus Books, Cambridge, MA.
Linares, L.M. & Farin˜a, J.M. (2002) Ecologı´a y ordenacio´n del
monte-dehesa de Oje´n, Los Barrios (Ca´diz). Almoraima, 27,
253–271.
Maran˜o´n, T. & Ojeda, J.F. (1998) Ecology and history of a
wooded landscape in southern Spain. The ecological history
of European forests (ed. by K.J. Kirby and C. Watkins),
pp. 107–116. CAB International, Wallingford, UK.
Maran˜o´n, T., Zamora, R., Villar, R., Zavala, M.A., Quero, J.L.,
Pe´rez-Ramos, I.M., Mendoza, I. & Castro, J. (2004)
Regeneration of tree species and restoration under con-
trasted Mediterranean habitats: field and glasshouse exper-
iments. International Journal of Ecology and Environmental
Sciences, 30, 187–196.
Me´dail, F. & Que´zel, P. (1997) Hot-spots analysis for
conservation of plant biodiversity in the Mediterranean
Basin. Annals of the Missouri Botanical Garden, 84, 112–
127.
Mejı´as, J.A., Arroyo, J. & Maran˜o´n, T. (2007) Ecology and
biogeography of plant communities associated with the post
Plio-Pleistocene relict Rhododendron ponticum subsp. baet-
icum in southern Spain. Journal of Biogeography, 34, 456–
472.
Metropolis, N., Rosenbluth, A.W., Rosenbluth, M.N., Teller,
A.H. & Teller, E. (1953) Equations of state calculations by
fast computing machines. Journal of Chemical Physics, 21,
1087–1092.
MMA (1996) Segundo Inventario Forestal Nacional (1986–
1996): bases de datos e informacio´n cartogra´fica. Banco de
Datos de la Naturaleza, Ministerio de Medio Ambiente,
Madrid, Spain.
Montoya, J.M. (1988) Los alcornocales. MAPA, Madrid, Spain.
Noble, I.R. & Dirzo, R. (1997) Forests as human-dominated
ecosystems. Science, 277, 522–525.
Ojeda, F., Maran˜o´n, T. & Arroyo, J. (1996) Patterns of eco-
logical, chorological and taxonomic diversity at both sides of
the Strait of Gibraltar. Journal of Vegetation Science, 7, 63–
72.
Ovalle, C., Avendan˜o, J., Aronson, J. & Del Pozo, A. (1996)
Land occupation patterns and vegetation structure in the
anthropogenic savannas (espinales) of central Chile. Forest
Ecology and Management, 86, 129–139.
Parejo, F.M. (2004) Siglo y medio de comercio exterior de pro-
ductos corcheros en Espan˜a, 1849-2000. Documento de tra-
bajo no. 0402. Asociacio´n Espan˜ola de Historia Econo´mica,
Madrid, Spain.
Parsons, J. (1962) The cork oak forests and the evolution of the
cork industry in southern Spain and Portugal. Economic
Geography, 38, 195–214.
Pearson, R.G. & Dawson, T.P. (2003) Predicting the impacts of
climate change on the distribution of species: are bioclimatic
I. R. Urbieta et al.
1698 Journal of Biogeography 35, 1688–1700
ª 2008 The Authors. Journal compilation ª 2008 Blackwell Publishing Ltd
envelope models useful? Global Ecology and Biogeography,
12, 361–371.
Pe´rez-Ramos, I.M. (2007) Factores que condicionan la regen-
eracio´n natural de especies len˜osas en un bosque mediterra´neo
del sur de la Penı´nsula Ibe´rica. PhD thesis, University of
Sevilla, Sevilla, Spain.
Petit, R.J., Brewer, S., Borda´cs, S., Burg, K., Cheddadi, R.,
Coart, E., Cotrell, J., Csaikl, U.M., Van Dam, B., Deans, J.D.,
Espinel, S., Fineschi, S., Finkeldey, R., Glaz, I., Goicoechea,
P.G., Flemmeing Madsen, S., Ma´tya´s, G., Munro, R.C.,
Popescu, F., Slade, D., Tabbener, H., de Vries, S.G.M.,
Ziegenhagen, B., de Beaulieu, J.L. & Kremer, A. (2002)
Identification of refugia and post-glacial colonisation routes
of European white oaks based on chloroplast DNA and fossil
pollen evidence. Forest Ecology and Management, 156, 49–
74.
Pigott, C.D. & Pigott, S. (1993) Water as a determinant of the
distribution of trees at the boundary of the Mediterranean
zone. Journal of Ecology, 81, 557–566.
Plieninger, T., Pulido, F.J. & Konold, W. (2003) Effects of
land-use history on size structure of holm oak stands in
Spanish dehesas: implication for conservation and restora-
tion. Environmental Conservation, 30, 61–70.
Pons, A. & Que´zel, P. (1985) The history of the flora and
vegetation and past and present human disturbance in the
Mediterranean area. Plant conservation in the Mediterranean
area (ed. by C. Go´mez-Campo), pp. 25–43. Geobotany 7,
Junk Publishers, Dordrecht, the Netherlands.
Pulido, F.J., Dı´az, M. & Hidalgo de Trucios, S.J. (2001) Size
structure and regeneration of Spanish holm oak Quercus ilex
forest and dehesas: effects of agroforestry use on their long-
term sustainability. Forest Ecology and Management, 146, 1–
13.
Quero, J.L., Villar, R., Maran˜o´n, T. & Zamora, R. (2006)
Interactions of drought and shade effects on seedlings of
four Quercus species: physiological and structural leaf
responses. New Phytologist, 170, 819–834.
Que´zel, P. (1985) Definition of the Mediterranean region and
the origin of its flora. Plant conservation in the Mediterra-
nean area (ed. by C. Go´mez-Campo), pp. 9–23. Geobotany
7, Junk Publishers, Dordrecht, the Netherlands.
Reille, M. (1977) Contribution pollenanalytique a` l’histoire
holoce`ne de la ve´ge´tation des montagnes du Rif (Maroc
septentrional). Xe Congre`s INQUA, Birmingham 1977.
Supplement au Bulletin de l’Association franc¸aise pour l’Etude
du Quaternaire, 1, 53–76.
Reille, M. & Pons, A. (1992) The ecological significance of
sclerophyllous oak forests in the western part of the Medi-
terranean basin: a note on pollen analytical data. Vegetatio,
99–100, 13–17.
Richardson, D.M. (1998) Forestry trees as invasive aliens.
Conservation Biology, 12, 18–26.
Richardson, D.M., Williams, P.A. & Hobbs, R.J. (1994) Pine
invasions in the Southern Hemisphere: determinants of
spread and invadability. Journal of Biogeography, 21, 511–
527.
Riera-Mora, S. & Esteban-Amat, A. (1994) Vegetation history
and human activity during the last 6000 years on the central
Catalan coast (northeastern Iberian Peninsula). Vegetation
History and Archaeobotany, 3, 7–23.
Rodrigo, F.S., Esteban-Parra, M.J., Pozo-Va´zquez, D. & Cas-
tro-Dı´ez, Y. (2000) Rainfall variability in southern Spain on
decadal to centennial time scales. International Journal of
Climatology, 20, 721–732.
Rodrı´guez-Sa´nchez, F., Pe´rez-Barrales, R., Ojeda, F., Vargas, P.
& Arroyo, J. (in press) The Strait of Gibraltar as a melting
pot for plant biodiversity. Quaternary Science Reviews.
Sanderson, E.W., Jaiteh, M., Levy, M.A., Redford, K.H.,
Wannebo, A.V. & Woolmer, G. (2002) The human footprint
and the last of the wild. BioScience, 52, 891–904.
Schau¨ble, H. (2003) HydroTools 1.0 extension for ArcView 3.x.
Hydrological analyses with single-flow and multiple-flow
algorithms. http://www.terracs.com (last accessed 30 April,
2008).
Schro¨ter, D., Cramer, W., Leemans, R., Prentice, I.C., Araujo,
M.B., Arnell, N.W., Bondeau, A., Bugmann, H., Carter, T.R.,
Gracia, C.A., de la Vega-Leinert, A., Erhard, M., Ewert, F.,
Glendining, M., House, J.I., Kankaanpaa, S., Klein, R.J.T.,
Lavorel, S., Lindner, M., Metzger, M.J., Meyer, J., Mitchell,
T.D., Reginster, I., Rounsevell, M., Sabate, S., Sitch, S.,
Smith, B., Smith, J., Smith, P., Sykes, M.T., Thonicke, K.,
Thuiller, W., Tuck, G., Zaehle, S. & Zierl, B. (2005) Eco-
system service supply and vulnerability to global change in
Europe. Science, 310, 1333–1337.
Sˇteˇpa´nek, P. (2006) AnClim 4.92 – software for time series
analysis. Department of Geography, Faculty of Natural Sci-
ences, MU, Brno, Czech Republic.
Terral, J.F., Alonso, N., Buxo´ i Capdevila, R., Chatti, N.,
Fabre, L., Fiorentino, G., Marinval, P., Pe´rez Jorda´, G.,
Pradat, B., Rovira, N. & Alibert, P. (2004) Historical
biogeography of olive domestication (Olea europaea L.) as
revealed by geometrical morphometry applied to biological
and archaeological material. Journal of Biogeography, 31,
63–77.
Thirgood, J.V. (1981) Man and the Mediterranean Forest. A
history of resource depletion. Academic Press, London.
Thomson, J.D., Weiblen, G., Thomson, B.A., Alfaro, S. &
Legendre, P. (1996) Untangling multiple factors in spatial
distributions: lilies, gophers, and rocks. Ecology, 77, 1698–
1715.
Thornthwaite, C.W. (1948) An approach toward a rational
classification of climate. Geographical Review, 38, 55–94.
Vernet, J.L. (1973) Etude sur l’histoire de la ve´ge´tation du Sud-
Est de la France au Quaternaire d’apre`s les charbons de bois
principalement. Pale´obiologie Continentale, 4, 1–90.
Vieira Natividade, J. (1991) Subericultura. MAPA, Madrid.
Vitousek, P.M., Mooney, H.A., Lubchenco, J. & Melillo, J.M.
(1997) Human domination of Earth’s ecosystems. Science,
227, 494–499.
Wheeler, D. & Martı´n-Vide, J. (1992) Rainfall characteristics of
mainland Europe’s most southerly stations. International
Journal of Climatology, 12, 69–76.
Determinants of mixed oak forest structure
Journal of Biogeography 35, 1688–1700 1699
ª 2008 The Authors. Journal compilation ª 2008 Blackwell Publishing Ltd
Whittaker, R.H. & Levin, S.A. (1977) The role of mosaic
phenomena in natural communities. Theoretical Population
Biology, 12, 117–139.
Willis, K.J. & Whittaker, R.J. (2002) Species diversity – scale
matters. Science, 295, 1245–1248.
Zavala, M.A. (2000) The ecology and dynamics of Mediterra-
nean evergreen pine–oak forests. PhD Thesis, Princeton
University, Princeton.
Zavala, M.A., Espelta, J.M. & Retana, J. (2000) Constraints and
trade-offs in Mediterranean plant communities: the case of
holm oak–aleppo pine forests. Botanical Review, 66, 119–
149.
Zobel, B.J., van Wyk, G. & Stahl, P. (1987) Growing exotic
forests. John Wiley & Sons, New York.
SUPPLEMENTARY MATERIAL
The following supplementary material is available for this
article:
Appendix S1 List of references of the historical management
plans consulted, which included quantitative inventories and
management practices in the mixed oak state forests (area of
Los Alcornocales Natural Park, southern Spain).
Appendix S2 Correlograms of best-fit models for Quercus
suber and Q. canariensis abundance at landscape and regional
scales.
This material is available as part of the online article
from: http://www.blackwell-synergy.com/doi/abs/10.1111/j.
1365-2699.2007.01886.x (This link will take you to the article
abstract).
Please note: Blackwell Publishing is not responsible for the
content or functionality of any supplementary materials
supplied by the authors. Any queries (other than missing
material) should be directed to the corresponding author for
the article.
BIOSKETCHES
Itziar R. Urbieta received a PhD in Ecology from the
University of Alcala´ and IRNA (CSIC) in Sevilla, Spain. Her
main interest is in understanding the mechanisms shaping
landscape structure in Mediterranean oak forests through a
combination of multi-scale pattern analyses, field work and
mathematical modelling. Her work also focuses on adaptive
management and the development of decision-making tools
for sustainable forestry.
Miguel A. Zavala is a research scientist at CIFOR-INIA,
Madrid, Spain. His research focuses on the integration of
ecological processes across levels of organization and scales –
from plant physiological ecology to biogeography – with
emphasis in the development of mechanistic theories of forest
dynamics and species coexistence for Mediterranean forests.
Teodoro Maran˜o´n is a plant ecologist at IRNA, CSIC, in
Sevilla, Spain. His current work focuses on ecological factors
determining forest biodiversity patterns, and on the ecology of
regeneration processes in Mediterranean forests.
Editor: Ole Vetaas
I. R. Urbieta et al.
1700 Journal of Biogeography 35, 1688–1700
ª 2008 The Authors. Journal compilation ª 2008 Blackwell Publishing Ltd
